Large trees, here defined as �60 cm trunk diameter, are the most massive organisms in tropical rain forest, and are important in forest structure, dynamics and carbon cycling. The status of large trees in tropical forest is unclear, with both increasing and decreasing trends reported. We sampled across an old-growth tropical rain forest landscape at the La Selva Biological Station in Costa Rica to study the distribution and performance of large trees and their contribution to forest structure and dynamics. We censused all large trees in 238 0.50 ha plots, and also identified and measured all stems �10 cm diameter in 18 0.50 ha plots annually for 20 years . We assessed abundance, species diversity, and crown conditions of large trees in relation to soil type and topography, measured the contribution of large trees to stand structure, productivity, and dynamics, and analyzed the decadal population trends of large trees. Large trees accounted for 2.5% of stems and 25% of mean basal area and Estimated Above-Ground Biomass, and produced~10% of the estimated wood production. Crown exposure increased with stem diameter but predictability was low. Large tree density was about twice as high on more-fertile flat sites compared to less fertile sites on slopes and plateaus. Density of large trees increased 27% over the study interval, but the increase was restricted to the flat more-fertile sites. Mortality and recruitment differed between large trees and smaller stems, and strongly suggested that large tree density was affected by past climatic disturbances such as large El Niño events. Our results generally do not support the hypothesis of increasing biomass and turnover rates in tropical forest. We suggest that additional landscape-scale studies of large trees are needed to determine the generality of disturbance legacies in tropical forest study sites.
a1111111111 a1111111111 a1111111111 a1111111111 a1111111111
Introduction
The most massive organisms of tropical rain forests are the largest trees. Large trees in tropical forests have attracted increasing attention due to their role in carbon cycling, their contributions to forest structure and dynamics [1, 2, 3, 4] , and their reported sensitivity to droughts and forest fragmentation [5, 6, 7, 8, 9] .
The definition of a large tree is inherently comparative (bigger vs. smaller) and subjective (how big?). Different research groups have used different criteria, in part depending on whether the research was based on ground-based or remotely-sensed data (cf �70 cm [35, 36, 37] , �60 cm, [23] , � 50 cm [14] ). The research reported here was based on ground data, and we used the criterion of a trunk diameter �60 cm in order to compare our data to the largest possible number of tropical studies. We publish here all the original data from this research so that future studies can use these data with any large tree classification that may prove useful.
In this study we found that large tree density was increasing over this old-growth landscape, consistent with the Bigger and Faster Hypothesis. However, we also found clear demographic signals that the increasing density of large trees was most likely due to recovery from the effects of the historically-unusual high frequency of large El Niño events over the last four decades, and that overall, stand dynamism has decreased over the last two decades. We conclude by examining the possibility of landscape-scale climatic disturbance legacies on tropical forest inventory plots globally.
Materials and methods
This research was conducted under permits from the Costa Rican Ministerio de Ambiente y Energia, most recently Resolution SINAC-ACC-PI-R-037-2018. This study was carried out at the La Selva Biological Station in N.W. Costa Rica. The forest is classified as Tropical Wet Forest in the Holdridge Life Zone system [38] . All the areas sampled were terra firme (upland) forest and are considered old-growth forest [39] We analyzed two tree inventory data sets. One came from a long-term study of forest dynamics (the CARBONO Project) based on annual censuses of all stems >10 cm diameter in 18 0.50-ha (50 x 100 m) plots. The plots were established in three edaphic conditions [33] using a stratified random design: flat sites on old alluvial soils, flat sites on residual soils, and steeply-sloping plots on residual soils (Fig 1) . Complete details of plot establishment and project protocols are available at the CARBONO web page of the Organization for Tropical Studies (https://tropicalstudies.org/). We used these data to calculate growth, death, and recruitment rates of large trees and all smaller stems, as well as to analyze biodiversity and distribution patterns. Estimated above-ground biomass (EAGB) was calculated using Brown's [40] tropical wet forest allometry, which incorporates fewer assumptions than estimates including wood density and gives similar values at this site [41] . All the CARBONO data analyzed here were originally collected by D.B. Clark and D.A. Clark. All data necessary to replicate the CAR-BONO plot analyses in this paper are provided the Supplementary Information (S1 and S2 Tables). We refer to this dataset as the "long-term inventory" sample.
A second data set in this study consisted of complete inventory of all large trees within 238 0.50-ha plots (50 x 100 m) in five blocks distributed across the mesoscale old-growth landscape at La Selva (Fig 1) . The permanent monuments of the La Selva 50 x 100 m grid system were used as plot corners. For the field work plot boundaries were delineated with fabric meter tapes and all large trees were censused in each plot. Diameters were measured with a fabric diameter tape (+/-1 mm) at 1.3 m height or using up to 6 m of ladder for individuals with buttresses or basal swellings. For 5 of the 1622 individuals a good measurement site was not available within~7 m of the ground; for these individuals, diameter was estimated by comparison to an extended m tape held perpendicular to the trunk at~7 m. Crown position on a 7-point scale [25] was estimated for each individual by two different observers, and these estimates were averaged. The 238 large tree census plots were established over a 6-year interval (2006-2011) and were last censused for mortality in 2016. Death rates for the individuals added each year were calculated to 2016. The data for these large trees are provided in Supporting Information (S3 Table) . We refer to these plots as the "large tree plots".
A long history of soils research at La Selva has led to the classification of the major soil types. The dominant upland soils are flat upland soils of alluvial origin near the Puerto Viejo River, and older residual soils derived from in-place weathering of basaltic lava flows with Soil types and study areas in old-growth tropical rain forest at the La Selva Biological Station, Costa Rica. Soil types [33] are residual (dark brown), old alluvial (green), swamp (gray), riparian (light gray stippled) and recent alluvium (light brown). 18 0.5 ha long-term inventory plots are show as red rectangles (RF = residual soil flat sites, RS = steeply-sloping residual soil, OA = flat old alluvial sites). White rectangles show the 238 0.50 ha plots with complete inventories of large trees.
https://doi.org/10.1371/journal.pone.0224896.g001
Diversity, distribution and dynamics of large tropical trees increasing elevation up the stream watersheds ( [32] Fig 1) . The alluvial soils in general have higher nutrient concentrations than the residual soils (S4 Table) [42, 43] . The long-term inventory plots generally support the view of more nutrient rich old alluvial soils, although erosion rejuvenates nutrient supply on residual slopes [44] . Concentrations of P and K were higher and C/N ratios lower in the top 10 cm of soil in plots located on old alluvium compared to the flat and steeply-sloping residual soils plots. Floristic and structural differences between sites on residual and old alluvial soils are well documented [16, 33, 45, 46] .
We used lidar data to develop a digital elevation model (DEM) and characterize slopes in the long-term inventory and large tree plots. The lidar data was acquired in 2009 by the Northrop Grumman Corporation using an Optech ALTM 3100 scanning device. We used a comprehensive point cloud averaging 6 points per square meter that was filtered to identify ground and vegetation points [47] . We interpolated a DEM (1 m spatial resolution) from a Delaunay Triangulation that was defined as a function of the lidar ground points. A slope angle map was calculated by estimating the maximum rate of change in elevation from a given grid cell to its eight neighbors.
Results

Relative importance of large trees
In the long-term inventory plots large trees accounted for an average 2.5% of stems from 1997-2017, roughly one quarter of mean basal area and EAGB, and about 10% of estimated annual increments in basal area and EAGB over this period (Table 1) .
Mean abundance and productivity of large trees and smaller stems (� 10 cm diameter to <60 cm) in 18 0.50 ha long-term inventory plots across an old-growth upland tropical rain forest landscape at La Selva Biological Station, Costa Rica, 1997-2017. Data for structure variables are based on means of 21 annual censuses per 0.50 ha plot (N = 18) from 1997-2017. Data for annual productivity are based on mean plot-level values for 20 annual recensuses from 1998-2017. SEM = standard error of the mean, EAGB = Estimated Above-Ground Biomass estimated using Brown's Tropical Wet Forest allometry [40] .
We calculated the 20-year mean EAGB for all stems in each plot and separately for the large trees and smaller stems. Variation in total plot EAGB largely explained by variation in large tree EAGB per plot (r 2 (adj) = 0.69, P<0.001, N = 18). However the percentage of total plot EAGB represented by large trees increased significantly with plot EAGB (r2 (adj) = 0.56, P<0.001, N = 18), so the statistical significance of the relation of total plot EAGB to large tree EAGB is likely to be affected by the part-whole correlation issue. Total plot EAGB of smaller stems was negatively correlated with plot large tree EAGB (r 2 (adj) = 0.17, P<0.06).
Large tree species diversity and size
For a point-in-time assessment of large tree species diversity we analyzed the 2009 census data from the long-term inventory plots (18 0.5 ha plots). A total of 218 tree species were recorded Diversity, distribution and dynamics of large tropical trees among the �10 cm diameter stems; of these 218 species 25 (11.5%) had at least one individual reaching the 60 cm large tree size limit. The 25 species were distributed among 15 families and 24 genera. For a multidecadal view of large tree species diversity we analyzed the annual diameter measurements of all stems �10 cm diameter in the long-term inventory plots from 1997-2017. There were 67,153 diameter measurements on 4,635 individual trees (excluding palms and lianas). Over these two decades 241 species of trees occurred in the plots. Of the 241 species, 32 had at least one diameter measurement of �60 cm ("large tree species") and 209 did not. Rarity and small size were correlated. The 78 rarest species were all non-large tree species with an average maximum diameter of 18.7 cm. Overall the large tree species tended to be more common (median 19 individuals in the total sample versus 5 for non-large tree species) and larger than the non-large tree species (mean diameter 34.8 vs. 17.1 cm).
In the 238 0.5 ha large tree plots, the 1662 large trees occurred in 34 families, 60 genera, and 70 species ( Table 2) . Pentaclethra macroloba (Fabaceae) was the dominant species, accounting for 51% of large tree individuals. Fabaceae was the dominant large tree family with 13 genera and 18 species, and accounted for 65% of all large tree individuals. The second-most abundant family (Meliaceae), with two species in separate genera, accounted for only 6% of individuals. The number of large tree species decreased as stem diameter increased (Table 3) , and only 18 species reached 100 cm diameter.
For individual large trees that were mapped by the GIS analysis to either residual or old alluvial soils (N = 1552), 12 species accounted for 76% of the total large tree sample. The frequency distribution of 12 species (and all others grouped as one) was highly significantly different between the two soils types (Pearson chi-square 42.2, df = 12, P<0.001), indicating strong edaphic preferences of the large tree species.
Large tree crown exposure to light
As expected for the largest trees in the forest, most large trees had crowns that were either fully exposed to vertical illumination or were emergent with both vertical and full lateral exposure to light (Table 4 ). Large trees with crowns in these high-light conditions accounted for 80% of the total sample of large trees and 82% of the total large tree basal area in this sample (Table 4 ). There was a general tendency for the larger-diameter trees to have more highly illuminated crowns ( Fig 2) , but the low degree of predictability is notable. Large trees with emergent crowns occurred across the entire size diameter size range, and many large-diameter individuals were not emergent ( Fig 2) . The lack of a high correlation between diameter and crown position was probably related to several factors including specific topographic microsite, local neighborhood forest structure, an individual's history of stem and crown damage, and morphological differences among species. For example Pentaclethra macroloba, the most common large tree species (51% of the landscape sample), had a significantly lower distribution of crown positions than the non-Pentaclethra large trees ( Table 4 , χ 2 df = 3, P<0.0001).
Distribution of large trees in relation to topography
The experimental design of the CARBONO Project, with plots stratified across local gradients of soil type and topography, facilitated analyses edaphic effects on the distribution of large trees and smaller stems ( Table 5 ). In plots located on residual soils, there were no detectable effects of flat versus steep-slope topography on any aspect of stand structure ( Table 5 column Slope Effect).
We also analyzed the effects of topography on large tree density in the long-term inventory plots using GIS-derived estimates of mean plot elevation and slope. A two-factor model The number of individuals, species, and total basal area of 1622 large trees in 238 0.5 ha plots in old-growth tropical rain forest at the La Selva Biological Station, Costa Rica, in relation to different stem diameter limits. Each higher diameter class is a subset of the adjacent lower diameter class.
https://doi.org/10.1371/journal.pone.0224896.t003
Diversity, distribution and dynamics of large tropical trees relating the density of large trees to modelled slope and elevation had an r 2 of 0.36 (P<0.05).
In general, large tree density was higher on flatter plots at lower elevations (plot mean elevation range 53-129 masl). The same elevation and slope model applied to the large tree plots showed a similar pattern (r 2 = 0.10, P<0.001, more large trees in the flatter and lower-elevation plots).
Large tree distribution in relation to soil nutrients
There were numerous differences in stand structure for large trees and smaller stems between sites on different soils types with similar flat topographies ( Table 5 column Soil Effect). In the long-term inventory plots on flat old alluvial soil large tree density was approximately twice as high as on flat residual soil sites. Plot-level large tree basal area and EAGB were also significantly higher on the old alluvial soils. Although stems �60 cm diameter had significantly larger mean diameters on the flat alluvial soils compared to residual soils, they were significantly Distribution of crown positions [25] and basal area for 1622 large trees (�60 cm diameter) in 238 0.50 ha plots over an upland old-growth tropical rain forest landscape at the La Selva Biological Station, Costa Rica. Crown positions were evaluated by two observers and averaged. 5 = fully emergent with full vertical and lateral illumination, 4 = >90% of the crown with direct vertical illumination, 3 = 10-90% of the crown with vertical illumination, <3 = <10% of the crown with vertical illumination (combining several less-illuminated categories down to no direct vertical or lateral illumination).
https://doi.org/10.1371/journal.pone.0224896.t004 [25] , of 1622 large trees in 238 0.5 ha plots across an upland old-growth tropical rain forest landscape at the La Selva Biological Station, Costa Rica. Crown position codes: 5 = fully emergent (exposed to both lateral and overhead light), 4 = �90% of crown exposed to vertical illumination; 3 = 10-90% vertical illumination; 2 = only lateral illumination, 1 = no direct illumination. Crown position was evaluated by two observers, and the average of the two estimates was calculated for each tree. Symbol size is proportional to the square root of the number of observations (range = 1-27).
https://doi.org/10.1371/journal.pone.0224896.g002
Diversity, distribution and dynamics of large tropical trees denser and had higher plot basal area on the residual soil plots. Across the 18 long-term inventory plots large tree density was significantly correlated with soil concentrations of P, K and Mg in the top 10 cm (r (adj) = 0.41, 0.52, -0.48 respectively, P�0.05 for all; soil data in S4 Table) . A 3-factor model relating large tree density to concentrations of P, K and Mg had an r 2 (adj) of 0.41 (P<0.05).
In the 238 large tree plots, the density of large trees was also higher in plots that were principally or entirely on old alluvial soil compared to plots on residual soils (9.3 vs. 6.4 large trees/ plot, S5 Table) . We did not have plot-level nutrient analyses for the large tree plots and so could not examine the effects of specific nutrients on large tree density in this data set.
Large tree productivity in relation to edaphic factors
There were no significant differences in mean diameter growth rates of individual large trees and smaller stems among the edaphic categories (Table 6 ). In contrast, plot-level large tree basal area and EAGB increments were higher on flat old alluvial sites and higher for smaller stems on flat residual soil sites. The differences in productivity were caused primarily by the significantly higher density of large trees on alluvial soils and of smaller stems on residual soils (Table 5 ). No productivity differences related to flat versus sloping sites on residual soils were found for either large trees or smaller stems.
Large tree dynamics
We analyzed large tree death rates in the large trees-and long-term inventory plots over the time interval that the large tree plots were studied (2006) (2007) (2008) (2009) (2010) (2011) (2012) (2013) (2014) (2015) (2016) . Rates of annual mortality of the large trees were very similar between the CARBONO and large tree inventory plots (2.53% vs. 2.46% respectively, Table 7 .) Over this decade rates of mortality in the CARBONO plots were not significantly different among stem diameter size categories (X 2 = 1.818, df = 5, NS).
Large tree mortality and recruitment did not vary with soil type (Table 8 ). For smaller stems mortality and recruitment rates were higher in flat residual soil plots than in old alluvial Mean large tree diameter in plot P2 was based on only 16 years, because there were no large trees present for 5 years; all other plots are based on N = 21. SEM = standard error of the mean, BA = basal area, EAGB = estimated above-ground biomass, NSD = no significant difference. Tests for soil effects are based on ANOVA between the longs-term means from the six plots of flat old alluvial sites and the six flat residual soil plots (different soils, similar topographies). Tests for slope effects are based on ANOVA between the long-term means from the six plots on flat residual soil and the six plots on steep residual soil (similar soils, different topographies). � P�0.05, plots. For both large trees and smaller trees there were no significant differences in mortality between the flat and steeply-sloping plots on residual soils, but small stem recruitment was higher on flat residual-soil sites compared to steeply sloping ones (Table 8 ).
In the long-term inventory plots mortality of large trees accounted for an average of 22% of the total annual basal area loss from 1997-2017 (S6 Table) . Large tree basal area loss ranged from 8% to 56% of total annual basal area lost in the plots. This was more than twice as variable as annual basal area loss by smaller stems (CV 79% v 31%), so that interannual variance in landscape-scale basal area loss was primarily driven by the death of large trees. There was no relation between total basal area lost in a year by large trees and by smaller stems (r adj 2 = 0.02, P = 0.53, N = 20), suggesting different causative factors for mortality in the two groups. Rates of tree mortality at the La Selva Biological Station, Costa Rica. m is the exponential annual rate of mortality [48] . N 2016 is number of large trees alive at the 2016 census for cohorts with different first census dates. The weighted average annual mortality is the sum of each first census sample size multiplied by the associated mortality rate, divided by the sum of sample sizes [49] .
https://doi.org/10.1371/journal.pone.0224896.t007
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Decadal trends in large tree density and dynamics
To analyze large tree density and dynamics over the two decades of this study we considered the entire upland old-growth landscape sampled by the 18 0.5 ha long-term inventory plots.
Over the 20-year study period stem density (all stems �10 cm diameter) showed no directional trend, ending at almost the same density as in the beginning of the study (S1 Fig). In contrast, mean stem diameter per plot increased steadily (S2 Fig) , ending about 5% higher. As a result, mean plot basal area and EAGB were 8%-9% greater at the end of the study (S3 Fig), with an apparent leveling off in the last six years. An increase in stand basal area does not necessarily lead to an increase in stand biomass if species composition is changing to species with lower wood density [51, 52] . Because EAGB-weighted wood density for trees and palms did not change over the 20 years (0.491 g/cc 3 1997 and 2017), the increase in basal area led to actual increases in stand biomass. In contrast to total stem density, large tree density increased 27% over the 20 years (Fig 3) . Mean large tree stem diameter decreased from 73.7 cm to 71.1 cm (S4 Fig) , while mean plot large tree basal area increased 22% (S5 Fig) .
The increase in large tree plot basal area began in the mid-2000s, and coincided with a 12-yr period where total recruits to large tree status (those newly reaching �60 cm diameter) outnumbered total large tree deaths by 59 to 31 (Fig 4) . In 1997-1998 a strong El Niño event caused record high temperatures and record low dry season rainfall at La Selva [53] . After this event there was a sharp increase in diameter growth rates of both large and small stems, but subsequently diameter growth rates and total landscape basal area addition showed no directional trend (Fig 5, S6 Fig) . The preponderance of large tree recruits over deaths in the last 13 years was not due to increases in diameter growth rates of individuals in the immediate prelarge tree size class (50.0-59.9 cm diameter) (S7 Fig) .
Discussion
Decadal trends in large tree density
Any study of large trees, and of any particular tropical forest landscape, must deal with the issue of a limited period of observation relative to much longer tree lifespans and potential Annual tree mortality and recruitment by edaphic type and size class from 1997-2017 in 18 0.50 ha plots sited across an upland soil gradient in old-growth tropical wet forest at the La Selva Biological Station, Costa Rica. Calculation of exponential annual mortality (m) followed Sheil and May [48] . Soil effects were examined using contingency table analysis of deaths and survivals for all individuals first censused in 1997 and recensused in 2017 on flat alluvial soils and steeply sloping residual soils. Slope effects were examined by contrasting individuals on flat residual soils versus steeply sloping residuals soils. Annual recruitment (r) by soil type was calculated as post-1997 recruits present in 2017 compared to the initial size cohort in 1997; individuals that recruited after 1997 and that died before 2017 were not included [50] .
Contingency analysis compared number of surviving recruits to total small stems present in 1997 as described above for mortality � P�0.05, ��� P<0.001, NSD No Significant Difference.
https://doi.org/10.1371/journal.pone.0224896.t008
Diversity, distribution and dynamics of large tropical trees legacies of disturbance events prior to the study period [54] . Individual tropical forest large trees can live several centuries [55] , while most tropical ecological studies span a few decades at most. In the case of the landscape studied here, the initial year of the intensive forest inventory plot coincided with a major El Niño event [16, 53] . The effects of that event on forest structure and tree dynamics were substantial. However gross descriptors of forest structure and process returned to presumed baseline levels within a few years [16, 53] .
To understand large tree dynamics over this old-growth landscape over the last 20 years it is useful to contrast their performance and effects on forest structure with those of the smaller stems, which account for 97% stems and 73% of stand EAGB (Table 1) . Over the last two decades total landscape stem density was impressively stable (S1 Fig) . The total number of deaths was almost exactly offset by incoming recruits (2095 vs 2100, Fig 6) . Over the same period average stem diameter increased (S2 Fig) , so that mean plot basal area increased (S3 Fig) . Increasing stand basal area has also been reported from other tropical rain forests, and rising global CO 2 concentrations have been hypothesized as a potential driver of this change [56] . Several studies [17, 18, 57] now have reported increasing stand EAGB and rates of tree growth, mortality, and recruitment (the "Bigger and Faster Hypothesis" or B&FH 0 [16] ).
While the old-growth landscape studied here did show increasing basal area over a twodecade interval (S3 Fig) , trends in key demographic traits differed from those predicted by the B&FH 0 . There was no increase in diameter growth rates over time ( Fig 5) . Instead of the increasing stand dynamics predicted by the B&FH o , stand-level mortality and recruitment declined over the two-decade study period (S8 and S9 Figs). As a result, turnover (the average of mortality and recruitment) declined over the course of this study (Fig 7) . Lower turnover leads to longer average tree lifetimes, or more time for trees to grow before death. Higher basal area was a demographic consequence of decreasing stand dynamism over the last two decades. Large tree dynamics differed from those of the smaller stems over this landscape. In contrast to the landscape-scale stability of total stem density (S1 Fig) , large tree density rose considerably from 1997 to 2017 (Fig 3) , and mean large tree stem diameter decreased (S4 Fig) .
The increase in large tree stem density offset the decrease in mean stem diameter, so large tree basal area per plot increased (S5 Fig) . The net result of increasing basal area is the same for large tree and smaller stems, but the underlying demographic processes are completely different. Over two decades ago Clark and Clark [36] suggested that, based on growth and death rates of a large marked sample of large trees at La Selva, large tree density must have been increasing at the landscape scale. The results from long-term inventory plots presented here confirm that inference.
The results for both large tree and smaller stems over the last two decades are consistent with a landscape recovering from past disturbance. It is clear that the strong 1997 El Niño event had significant impacts on forest structure and dynamics at La Selva (Fig 7, S3, S8 and S9 Figs, [16, 53] ). We do not have annual-scale data on forest dynamics prior to 1997. However, the two decades prior to our study was a period of unusually intense El Niño activity [58] . From 1895-2015 the 24 3-month periods of highest of El Niño indices includes only 6 different years of the 120 possible; two of these occurred during this study (1997, 1998) , and the other four occurred within the preceding 15 years (1982, 1983, 1987, 1992) . Given the magnitude of disturbance associated with the 1997 El Niño, it is possible that other major El Niño events during the two decades prior to 1997 caused similar impacts on La Selva. S1 Fig shows that total stand density recovers fairly quickly from natural disturbance, while Fig 7 and S2 Fig sug- gest a forest that is increasing in average tree age and size. In contrast, the large tree data suggest that large tree numbers have yet to recover from past disturbance in this forest. The Diversity, distribution and dynamics of large tropical trees decreasing average size (S4 Fig) and excess of recruits over deaths (Fig 4) is a pattern consistent with recovery in the large tree size class in the last two decades.
In summary, the unusually detailed data from this study, for both large tree and smaller stems, are consistent with a landscape recovering from disturbance. While increasing plot basal area is also consistent with the B&FH o , the demographic data (total stem density stable, decreasing turnover, no directional trend in growth rates or productivity) suggest that changes in forest structure and dynamics in the last two decades over this landscape have been driven primarily by local disturbance and recovery, and are not principally related to an accelerating global driver like increasing atmospheric CO 2 levels.
To our knowledge there is no other tropical forest landscape with the intensity of forest process sampling described in this paper, i.e. stratified random replicated forest inventory plots measured annually for 20 years. For this landscape the available evidence for both smaller trees and large trees points to a disturbance-recovery explanation for increasing stand basal area. Pantropically, most of the tropical rain forest sites that provided data for the Bigger and Faster Hypothesis were established between 1960 and 2000 (cf., median plot establishment date 1986, , N = 79 [59] ; median 1991, 1972-2005 , N = 137 [9] ). The 36 strongest 3-month average El Niño events from 1895-2015 all occurred in this period (8 different years [58] ). It is possible that many or most of the plots used as evidence for the B&FH O have also experienced major disturbance related to the unique history of strong El Niño events in recent decades, and also perhaps in the decades prior to plot establishment. This hypothesis is consistent with the results of Aleixo et al [13] , who showed that tree mortality in the Central Amazon was strongly related to ENSO events. Although we have here focused on El Niño-related disturbance, there are also other disturbances that could produce similar effect (e.g. North Atlantic Oscillation anomaly [13] , regional droughts [13, 60] , local storms [13, 61] ). As more data Diversity, distribution and dynamics of large tropical trees accumulate from tropical forest sites pantropically, it will be useful to determine if the sizerelated demographic trends found over the old-growth landscape at La Selva (smaller trees density stable, mean diameter increasing vs. larger tree density increasing, mean diameter decreasing) also occur in other tropical forests. If so, it may be necessary to reassess recent trends in tropical forest dynamics and to place a greater emphasis on decadal disturbance and recovery patterns and processes [54] .
Intra-landscape variation in large tree distribution and dynamics
There were substantial differences in large tree density and dynamics across the edaphic gradients of the old-growth landscape. Large tree stem number and basal area on residual soil plots were about half of those on old alluvial soil plots ( Table 5 ). Large tree death rates were 70% higher on residual soils although the difference was not statistically significant ( Table 8 ). The differences in large tree density among plots on different soil types increased over time (Fig 8) . The plots on old alluvial soil also had higher soil concentrations of P and K (data in S4 Table) , so the large tree patterns were correlated with soil nutrient levels.
The most direct expected effects of increasing soil nutrients on large tree performance would be increased growth rates on higher-nutrient sites. A plausible consequence of higher diameter growth rates would be higher rates of recruitment of smaller stems to large tree status. In fact, there were no significant differences in diameter growth rates of either large trees or smaller stems across soils types ( Table 6 column Soil Effect) and the rates of large tree recruitment were not different among edaphic types (Table 8 ). There was therefore no clear evidence for direct nutrient effects as the principal factor accounting for the large intra-landscape differences in large tree density and dynamics. In contrast, there is evidence that these within-landscape differences in forest structure and dynamics were due to spatially-localized disturbances. The largest disturbances over the study period observed were concentrated in residual soil areas. For the entire study period the median number of dead individuals per plot per annual census was 5 (N = 396 plot-censuses). For the largest 3% of these events however the median number of dead individuals was 21 (range 16-40, N = 12) , and these all occurred on residual-soil plots. In addition, plots on residual soil were more dynamic than plots on old alluvial soil over these two decades, with significantly higher rates of mortality and recruitment of smaller individuals ( Table 8) .
As argued above, it is also likely that a series of disturbances linked to large El Niño effects affected this landscape in the two decades prior to our study. We have no way of knowing if disturbances prior to our study were also concentrated on the residual soil areas but it is a possibility.
Overall, our conclusion at this point is that spatially-localized disturbances, particularly the larger disturbances, have been a major factor in causing and/or sustaining the observed differences in large tree dynamics and distribution across the old-growth landscape. The potential impacts of such a spatially-concentrated disturbance were demonstrated by a powerful storm that hit La Selva on 19 May 2018. Post-storm impact studies are currently underway, but the effects on plots in the storm's path can be inferred from 2018 post-storm census data. Fourteen plots appeared largely unaffected by the storm. In these plots total stem number decreased 0.7% from 2017 to 2018. For the four NW plots in the storm's path however, total stem number decreased by 17.0%. This example, and the 12 largest disturbance events discussed above, indicate that localized disturbances large enough to cause significant structural and demographic effects on 0.50 ha stands were moderately common events on this landscape over these two decades. Chambers et al. [54] suggested that for Amazonian forests a plot size of 10 ha is necessary to "maximize detection of temporal trends" and account for rare disturbance events. Our results suggest that an alternative approach, ie replicated smaller plots, is a more informative approach, since it can explicitly incorporate sampling across mesoscale ecological gradients and also generate field-measured metrics of variance in key forest properties.
Today the La Selva old-growth tropical forest is the only site that we are aware of that has been assayed with a landscape-scale plot network with annual censuses over two decades. It is therefore currently not possible to say how typical or atypical the level of disturbances documented in this study is for tropical rain forests in general, or how representative these two decades are of century-scale disturbance regimes. There are however two studies that have reached conclusions similar to ours. Ruisthauser et al. [62] censused 6 6.25-ha plots biannually for 16 years and concluded "biomass net changes were mainly driven by large and unpredictable losses, whereas gains remained nearly constant over time." Murphy et al [37] censused 20 0.50 ha plots over 40 years. Plot biomass did not increase over this interval and stem density decreased. They conclude that in the Australian rain forests they studied "are either not increasing in productivity in response to global change, or cyclones and other regional and local mechanisms of change mask any evidence of larger-scale patterns."
The research reported here revealed significant intra-landscape variation in large tree density in an old growth tropical rain forest, as well as similar variation in disturbance history and its effects. With the increasing power and plunging costs of remotely-sensed data, it is increasingly feasible to assess other tropical landscapes to determine if similar intra-landscape variance in stand structure and tree demography is common. Determining the footprints of historical disturbance on large trees demography will be more difficult as a series of repeat censuses is required, but such data will become increasingly common with repeated sampling via remote sensing [15, 26, 27, 63, 64, 65] . Future research could profitably focus on those study sites where existing ground plots can provide information on the smaller stems to complement and inform analyses of large tree distribution and performance. Given the importance of large trees to tropical forest carbon cycling and forest structure and dynamics, and the likely vulnerability of large trees to changing global and local climate effects, comparative research on large tree distribution and dynamics is urgently needed.
The concept of large trees: A practically useful classification with a complex biological foundation
The majority of the results presented in this paper are based on the classification "large trees" using an admittedly-arbitrary size limit. By using a strict size criterion, we and others using this approach specifically ignored species-level biological traits. The utility of using large trees as a practical method for understanding many aspects of tropical forest ecology has been amply demonstrated [1, 2, 11, 14, 31, 64] .
Are there biological traits other than maximum size shared by species that attain large tree status? At least over the old-growth tropical rain forest landscape and species pool that we studied, the answer is a qualified "No". While as a class large tree mortality was not different from smaller stems in the long-term inventory plots (Table 7) , at the species level there were marked interspecific differences. Within the large tree plots, annual mortality rates of the 15 most common species varied by two orders of magnitude (0.04-9.59% yr -1 S7 Table) . We found that species-level mortality was significantly lower for species with larger 95 th percentile, maximum and mean diameters (95 th percentile diameter x weighted mean mortality r (adj) 2 = 0.30, P<0.05 , N = 15 species). Similarly, Thomas et al. [27] found that taller individuals at La Selva had lower death rates than shorter individuals. For species that ever had an individual that attained large tree status in the long-term inventory plots ("large tree species", N = 32), mean diameter growth rates varied by an order of magnitude (all annual diameter measurements of any size individual from 1997-2017, 1.3-16.2 mm/year). These large tree species also spanned two orders of magnitude in the percentage of the diameter measurements that occurred on large tree-sized stems (0.4 to 54.0%).
The striking interspecific variation we documented among large tree species was in part due to the arbitrary size limit used to define large trees, and partially due to the arbitrary classification of species as "large tree species" based on as few as one occurrence of a large tree-sized individual in that species' sample. Going forward, it is certainly possible to investigate other arbitrary size limits and species classification alternatives. We believe a more useful course is to acknowledge the biological diversity contained within any large tree classification, while also recognizing the practical utility of applying an arbitrary size limit for large trees to facilitate the study of many aspects of tropical forest ecology at large spatial scales. For investigating species-level traits associated with demographic traits (such as maximum size and death rates), a regression analysis that specifically incorporates a continuum of responses is a statistically more powerful and biologically more realistic approach than the fixed size limit used in stand-based large tree studies. 
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